Climate change is occurring at an unprecedented rate and has begun to modify the distribution and phenology of organisms worldwide. Chelonians are expected to be particularly vulnerable due to limited dispersal capabilities as well as widespread temperature-dependent sex determination. The number of papers published about the effects of climate change on turtles has increased exponentially over the last decade; here, I review the data from peer-reviewed publications to assess the likely impacts of climate change on individuals, populations, and communities. Based upon these studies future research should focus on: (1) Individual responses to climate change, particularly with respect to thermal biology, phenology, and microhabitat selection; (2) improving species distribution models by incorporating fine-scale environmental variables as well as physiological processes; (3) identifying the consequences of skewed sex ratios; and (4) assessments of community resilience and the development of methods to mitigate climate change impacts. Although detailed management recommendations are not possible at this point, careful consideration should be given regarding how to manage low vagility species as habitats shift poleward. In the worst-case scenario, proactive management may be required in order to ensure that widespread losses do not occur.
Introduction
Anthropogenic climate change has numerous effects on biological communities, with many studies demonstrating ongoing changes in phenology, distribution, and community interactions [1] [2] [3] [4] [5] [6] [7] . In addition, anthropogenic climate change can reduce the amount of suitable habitat within the range of a species and thus increase the risk of extinction [8, 9] . Climate change has been identified as one of the major threats to reptile populations [10] ; the persistence of species may depend not only on the ultimate persistence of the climate, but also on the ability to keep pace with moving climates [11] .
Turtles are one of the most threatened groups of vertebrates. According to the International Union for Conservation of Nature (IUCN) Red List [12] , approximately 62.8% of chelonians (162 of 258 species) are either critically endangered (19.4%; n = 50), endangered (17.4%; n = 45) or vulnerable (30.0%; n = 65). The threats facing turtles are varied and include habitat loss, overexploitation, predation, invasive species, diseases, and climate change [10, 13] . Poikilothermic animals, including turtles, may be particularly susceptible to the effects of anthropogenic climate change [14] .
The possible effects of climate change on chelonians are varied and include potential skews in sex ratios [15] , alteration of existing habitat [6, 16] , loss of suitable habitat [17] , and extinction [18] . In addition, turtles and tortoises have limited vagility and may not be able to keep pace with forecasted climatic changes [10] . The impacts of climate change may vary depending upon the life-history stage; many aspects of chelonian embryonic development are influenced by hydrology and temperature while they are in the nest [19] . Anthropogenic climate change could affect individual growth rates [20] , fecundity [21] , reproductive phenology [22] , sex ratios via temperature-dependent sex determination [15] , and predation rates [23, 24] . Although turtles have survived previous periods of climate change, the existing rate of change is far more rapid and turtles may not be able to respond in time, due in part to their long generation times [25] .
Much of the existing research on climate change and chelonians has focused on the effects of climate change on marine turtles. Although the seven species of sea turtle (Chelonia mydas, Caretta caretta, Eretmochelys imbricata, Dermochelyis coriacea, Lepidochelys kempii, L. olivacea, and Natator depressus) represent approximately only 2% of the existing chelonian species [12] , 52.1% of published papers on turtles and climate change between 1991 and 2017 focused on sea turtles (n = 335 and 643 respectively; Figure 1 ). Hawkes et al. [25, 26] provided a review of existing papers on sea turtles and climate change. To date, however, there has not been a review of the effects of climate change on freshwater or terrestrial chelonians. Additionally, the number of papers published on climate change effects on turtles and tortoises have increased more than four-fold since the publication of this review (Figure 1) , so an updated, comprehensive review of data published on the existing and predicted effects of climate change on sea turtles, as well as freshwater and terrestrial chelonians, is warranted.
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Current Effects
A hierarchical classification of ecology, from smallest to largest, includes cells, organisms, populations, communities, ecosystems, landscapes, biomes, and the biosphere, although other classification schemes have been proposed [27] . However, most ecological studies focus on organisms, populations, and communities [28] . Anthropogenic climate change could conceivably affect each of these levels, with effects on individuals leading to changes in populations, which in turn could lead to changes in communities. There have been numerous studies on the effects of climate change for each of these levels in a variety of organisms over the past three decades, with many of the studies exploring the potential effects of climate change during the second half of the containing the search terms "turtles OR tortoises OR chelonian" and "climate change or global warming", as well as the search terms "sea turtle OR Chelonia OR Caretta OR Eretmochelys OR Dermochelyis OR Lepidochelys OR Natator" and "climate change or global warming".
A hierarchical classification of ecology, from smallest to largest, includes cells, organisms, populations, communities, ecosystems, landscapes, biomes, and the biosphere, although other classification schemes have been proposed [27] . However, most ecological studies focus on organisms, populations, and communities [28] . Anthropogenic climate change could conceivably affect each of these levels, with effects on individuals leading to changes in populations, which in turn could lead to changes in communities. There have been numerous studies on the effects of climate change for each of these levels in a variety of organisms over the past three decades, with many of the studies exploring the potential effects of climate change during the second half of the 21st century. There have also been a few studies exploring the current effects of climate change on chelonians. The following summarizes research showing how climate change currently affects individuals, populations, and communities.
Individuals
Climate change could conceivably modify resource availability, reducing or changing the prey base and affecting individual growth rates or survivorship. In addition, phenotypic and behavioral plasticity could also potentially ameliorate or mitigate the effects of climate change. For example, an individual could modify the date of egg-laying in response to warmer temperatures [29] . However, there have been few studies that explicitly looked at the effects of climate change on individual turtles. For example, studies exploring how climate change affects the prey base for individual chelonians are largely lacking. One notable exception is a study that found that a heat wave in 2010/2011 in Australia caused a 90% reduction in the amount of sea grass in some areas, which was linked to reduced health in green sea turtles for up to two years following the event [30] .
There are several studies about how temperatures affect adult sea turtles. For example, wintertime dive duration in loggerhead turtles is inversely related to sea surface temperatures, and they may adopt a "sit-and-wait" strategy with limited surfacing during periods of cold temperatures [31] . Some sea turtle species will also make seasonal trips to forage in areas that are only thermally suitable on a seasonal basis [32, 33] . In addition, if water temperatures drop below 10 • C, sea turtles may experience "cold stunning", which can be lethal [34] . In contrast, there is a paucity of studies examining how changes in temperature affect adult individuals of freshwater or terrestrial turtles. Painted turtles (Chrysemys picta) exposed to novel environmental conditions did not display a measurable stress response, nor did they exhibit a depressed immune response when transplanted to a novel climatic environment [35] .
Of the existing research regarding the effects of climate change on individuals, the majority of effort has focused on nest-site selection and its effects on egg development. Nest-site selection influences the thermal environment for the developing embryos, which can affect embryo survivorship and the sex of the offspring (e.g., [36] [37] [38] ). Chinese softshell turtles (Pelodiscus sinensis) exhibited only a 73.7% hatching rate when incubated at 34 • C, considerably lower than the 81.7-96.9% hatching rate when they were incubated at 24-32 • C [20] . In addition, it was also suggested that developing embryos can reposition themselves within the egg to take advantage of warmer temperatures [39, 40] . However, this suggestion has been contested, as diurnal shifts in temperature may occur too rapidly for embryos to respond [41] . Additionally, the rapid growth of embryos means that internal egg space rapidly diminishes, and muscle development is insufficient during the resulting narrow temporal window for behavioral thermoregulation [42] .
Temperature and precipitation can affect growth rates of hatchling chelonians, and climate change could potentially negatively impact these rates [43] . For example, warmer temperatures can influence post-hatching growth rates [44] , with warmer temperatures resulting in slower growth for some species [45, 46] . In addition, climate change may also affect hatchling survivorship. For instance, red-eared sliders (Trachemys scripta) in Illinois exhibited a negative relationship between mean ambient temperature and dry residual yolk mass, suggesting that warmer temperatures reduce the energy stores available to neonates of this species, which may in turn negatively affect hatchling fitness [47] . However, warmer conditions may be beneficial to hatchling survivorship near the poleward edge of their range. Many turtle species engage in delayed emergence, where hatchlings overwinter in the nest [48] . Greater survivorship in hatchling painted turtles was linked to overwinter temperatures, which were warmer in Indiana than in Nebraska [49] .
Populations
Population-level impacts of climate change could include expansion or contraction of distributions, changes in sex ratios, changes in survivorship, and increases or decreases in fecundity and recruitment. Additionally, anthropogenic climate change could reduce access to nesting substrates.
Phenological changes, such as the timing of reproduction, could also potentially occur. There are few published reports that have linked ongoing changes in chelonian distribution to climate change. At a fine scale, there was a slight northward shift in loggerhead sea turtle (Caretta caretta) nest placement along Melbourne Beach, Florida [50] . At the regional scale, the Mediterranean stripe-necked terrapin (Mauremys leprosa) of the Iberian peninsula expanded into inland areas over the past several decades, and concomitantly occupied higher altitudes as well [51] . Finally, Kemp's ridley historically nested along approximately 1000 km of beach in Mexico, but have now been observed laying eggs as far away as the Atlantic coast of Florida [52, 53] , more than 1700 km distant, due to warmer conditions. Additionally, the distribution of the leatherback sea turtle is tied to the 15 • C isotherm in the North Atlantic, and the summer position of this isotherm has shifted north by more than 330 km [54] .
Climate change could conceivably affect temperature-dependent sex determination (TSD), although the pattern of TSD in turtles is variable [55] ; not all species exhibit TSD [56] , as some species exhibit genetic sex determination [57] . There are three types of TSD: (1) Low temperatures result in females, while high temperatures result in males, abbreviated FM; (2) low temperatures produce males while high temperatures produce females, abbreviated MF; and (3) low temperatures result in females, medium temperatures result in males, and high temperatures result in females, abbreviated FMF [58] . Some turtle species exhibit MF, while others exhibit FMF; no turtle species exhibit FM [55] . The pivotal temperature is the temperature at which the ratio of male to female turtles is 1:1 for species that exhibit TSD [59] , and some species exhibit geographical variation in the pivotal temperature between male and female offspring [60] . Oddly, there are apparently no published studies confirming that hatchlings identified as one sex, as determined by incubation temperatures, are indeed that sex at sexual maturity [61] . Nonetheless, warmer temperatures may exceed the pivotal temperature and are most frequently linked with an increase in feminization in turtles that exhibit TSD. For example, green sea turtles reproducing in the northern Great Barrier reef have become extremely female-biased during the past two decades and this population is at risk of becoming completely feminized in the near future [62] . In the Caribbean, green sea turtles, hawksbill, and leatherback turtles have had female-biased hatchling sex ratios for at least the last century, and it is anticipated that climate change will further exacerbate this skew [63] .
Potential feminization is also a cause for concern in freshwater turtles. For example, ambient air temperature during July affected sex ratios of hatchling painted turtles [64] . However, not all studies found that warmer temperatures led to a female bias. Of ten species studied at Point Pelee National Park in Ontario in Canada, only one species exhibited a significant change in sex ratios since 1972, as red-eared sliders became more male-biased over time even as temperatures increased [13] . A similar trend was reported in another population as well [65] . Warming temperatures led to a longer egg-laying season of this species in Illinois, resulting in females laying an additional clutch of eggs when soil temperatures were relatively cool, resulting in a gradual male bias [65] . Additionally, although the ongoing effects of existing climate change on TSD are a cause for concern, land use change is currently more important in determining sex ratios in the Blanding's turtle (Emydoidea blandingii) than ongoing climate change [66] .
There is also evidence that temperatures play a role in seasonal movements. Hawksbill sea turtles in the Persian/Arabian Gulf temporarily emigrate from the area during the hottest summer months of June through August when the sea surface temperature averages 33.5 • C and return when temperatures begin to cool down during September and October [67] . Another study demonstrated that painted turtles in Illinois initiated nests sooner during years when ice disappeared earlier [68] . Similarly, the nesting phenology of six genera of freshwater turtles (Chelydra, Chrysemys, Kinosternon, Malaclemys, Sternotherus, and Trachemys) tends to correlate with temperatures approximately one month before egg-laying begins, with 11 of the 16 studied populations showing advances in nesting phenology [69] .
There is also evidence that increasing temperatures impact abundance, nesting phenology, and intervals between successive nesting seasons for hawksbill turtles in the southern Gulf of Mexico [70] . For example, sea surface temperatures (SSTs) for Pacific loggerhead foraging areas have steadily increased since 1955 and nesting abundance at rookeries declined as temperatures increased [71] . However, the effects of rising temperatures on the reproductive phenology of sea turtles is mixed. Mazaris et al. [72] found that warmer sea surface temperatures in the foraging ground triggered earlier egg-laying, as did Patel et al. [73] . In contrast, Neeman et al. [74] found that warmer sea surface temperatures at the foraging grounds led to later nesting in leatherback sea turtles. It was also suggested that the local conditions at the nesting grounds were more important than conditions on the foraging grounds [72] .
There is a paucity of studies that link ongoing climate change with changes in fecundity. In many temperate turtle species, follicular development begins in the fall, is suspended during the winter, and resumes during the spring, although the relative amount of development during autumn and spring varies between species [75] . Nearly all follicular development in snapping turtles (Chelydra serpentina) occurs during autumn, and warmer temperatures during this season have been linked to increases in egg mass, clutch mass, and clutch size [76] . Climate change can also affect fecundity by changing the accessibility of suitable nesting substrates. Sand bank availability in the Trombetas Reserve in Brazil during the dry season has declined over 40 years, and Arrau turtle (Podocnemis expansa) populations may be declining in part due to the reduction of this habitat as the length of the dry season continues to shorten [77] . Likewise, little has been published linking climatic conditions with survivorship in chelonians. Agassiz's desert tortoises (Gopherus agassizii) in California experienced a persistent drought from 1997 to 2002 and survivorship declined during this period, perhaps due to an increase in the coyote (Canis latrans) predation rate [78] . Likewise, a decrease in winter rainfall resulted in reduced survivorship for juvenile and immature Hermann's tortoises (Testudo hermanni) in Spain [79] .
Communities
Community-level changes due to anthropogenic climate change could include changes in community composition, the potential for non-reproducing invasive species to begin reproducing, changes in the prey base, and changes in interactions. While there are several studies documenting community-level changes in some taxa (e.g., [80] ), very few studies have been published documenting existing community changes involving chelonians that were linked to temperature.
One notable study that documented community-level changes occurred in Australia. A substantial change in turtle communities in the Murray River and its floodplain occurred between sampling in 1976-1982 and sampling in 2009-2011, with a 91% decline in catch per unit effort (CPUE) for the eastern snake-necked turtle (Chelodina longicollis) and a 69% reduction in CPUE for the Murray turtle (Emydura macquarii), but with no change in the CPUE for broad-shelled turtles (Chelodina expansa). This decline was attributed to a drought-induced loss of habitat, as well as predation pressure [23] .
There have been several studies that have examined the potential impacts of introduced red-eared sliders on species and communities where they have been released. The observed impacts include competing with native species for basking sites, as well as feeding on a prey base that could potentially be affected if the population increases [81] . In France, red-eared sliders outcompete native turtle species for basking sites [82] . In South Africa, it is believed that red-eared sliders displaced African helmeted turtles (Pelomedusa subrufa) through competition [81] . Spanish terrapins (Mauremys leprosa) avoid waters where the chemical cue of the red-eared slider is present, which may explain the apparent displacement of this species by red-eared sliders [83] . It was also suggested that introduced red-eared sliders may feed on native Gambusia spp. and snails in Bermuda [84] . Finally, red-eared sliders may transmit parasites to native chelonians [85, 86] .
Predicted Effects
When predicting the effects of climate change on chelonians, forecasted changes in distribution, phenology, and sex ratios are typically based upon Intergovernmental Panel on Climate Change (IPCC) predictions about climatic changes. The IPCC uses four different scenarios in order to forecast possible climatic changes [87] . The scenarios are based on the relative concentration pathways (RCPs), which simulate potential radiative forcing values for 2100 relative to 1750. The relative concentration pathway 2.6 is characterized by greenhouse gas emissions peaking prior to 2020 and declining thereafter, resulting in radiative forcing of +2.6 W/m 2 by 2100 [88] . Given existing trends in carbon dioxide during this decade, the RCP 2.6 scenario is no longer considered likely [89] . Relative concentration pathway 4.5 (where emissions peak around 2040 and then decline), RCP 6.0 (where emissions peak around 2080 and then decline), and RCP 8.5 (where emissions increase throughout the 21st century) result in radiative warming of +4.5 W/m 2 , +6.0 W/m 2 , and 8.5 W/m 2 , respectively [87] . Excluding the RCP 2.6 scenario, all scenarios resulted in an average global increase in excess of 1.5 • C by the end of the twenty-first century, with two of the three scenarios predicting that the temperature is likely to exceed 2.0 • C [87] . The potential impacts of these climatic changes are outlined below.
Individuals
Much remains to be determined in regard to how anthropogenic climate change could potentially affect individuals. Climate change could conceivably influence juvenile growth rate and age at maturity, with warmer temperatures leading to more rapid juvenile growth and a more rapid onset of sexual maturity [90] . Conversely, warmer temperatures may result in slower growth rates for some species [46] . Further research on this topic is called for as forecast changes in temperature and precipitation could potentially negatively impact these rates [43] .
Populations of organisms at the edge of their range may play key roles in facilitating the maintenance or expansion of those species under anthropogenic climate change [91] , although it is worth noting that genetic diversity at the edge of the range may be reduced relative to the core [92] . Refsnider and Janzen [93] suggested that the most likely outcome of anthropogenic warming is a combination of microevolution of thermal sensitivity coupled with plasticity in nesting behavior in chelonians. However, whether rapid evolutionary rescue will occur is uncertain, as there are few cases of it occurring in the wild [94] . Indeed, the current pace of warming will require the niche evolution for most organisms to evolve more than 10,000 times faster than typical rates [95] .
Populations
The majority of the published literature dealing with the potential effects of climate change on turtles focused on population-level effects. Foden et al. [96] and Carr et al. [97] suggested that climate change vulnerability hinged on the sensitivity, adaptability, and exposure of the species considered. Species with high sensitivity and low adaptability are considered to be biologically sensitive to environmental change [98] , while species with high exposure are considered to be "environmentally sensitive". Nine of the 46 chelonian species (19.6%) studied by Böhm et al. [98] were considered to be highly vulnerable to climate change, and climate vulnerability for all reptilian species considered was highest in portions of the Amazon basin and northwestern South America, southwestern USA, and parts of southeastern Asia. For example, changes in the hydrology of the Amazon basin, leading to shorter dry periods, could be detrimental to the reproductive success of the Arrau turtle (Podocnemis expansa), as this species nests along alluvial riverbanks [77] .
The range of most turtle species is affected by temperature [99] , with precipitation also being important for freshwater species [100] ; consequently, it is expected that climate change should have a pronounced effect on turtles. In general, warmer temperatures should relax thermal barriers at the poleward edge of the range [101] . However, the interaction between temperature and precipitation can limit distributional changes if there is insufficient water availability for organisms to take advantage of warmer conditions [102] . Both range extensions and range contractions can be viewed as a series of stages, with range extensions including arrival, increase in populations, and persistence, and range contractions consisting of a decline in performance, decline in population, and local extinction [103] . Dispersal is typically not included when creating species models, and when it has been explicitly included, climatic factors appear to be more important for describing species distributions than dispersal [104] .
Many studies have noted that widespread declines in suitable habitat are expected to occur due to climate change. In Wisconsin, suitable habitat for Blanding's turtles is expected to shift northward by the 2050s and is anticipated to almost entirely disappear under the highest emission scenario [105] . In Sicily, suitable habitat for the Sicilian pond turtle (Emys trinacris) is expected to be greatly reduced under all scenarios examined [106] . Ihlow et al. [99] modeled the distributions of 78% of extant species and found the ranges of 86% of the species were predicted to contract. Alarmingly, suitable bioclimatic conditions for 12% of the species considered were forecast to be situated completely outside of the current distribution [99] . However, because chelonians are long-lived species, adults may persist in suboptimal habitats for years or decades, even with little or no annual recruitment [107] . Consequently, turtles and tortoises could conceivably persist in areas where climatic conditions are no longer suitable for reproduction.
Other studies have found more mixed effects. For example, the amount of suitable habitat for the Rio Grande Cooter (Pseudemys gorzugi) was predicted to increase by the 2050s and then decline substantially by the 2070s [108] . Similarly, models of the projected distribution of five Kinosternon species under various climate scenarios show that the distribution of two species were predicted to substantially decline, one was forecast to remain essentially unchanged, and the ranges for two species were expected to substantially increase [109] . The amount of suitable bioclimatic conditions for red-eared sliders in the Great Lakes Basin is expected to increase from 26% up to potentially 50% by 2050 [110] .
Sea turtles are more vagile than freshwater or terrestrial turtles and therefore may be more suited to take advantage of rapidly warming climatic conditions. Witt et al. [111] suggested that the oceanic range of loggerhead turtles may expand in the Mediterranean Sea and Atlantic Ocean, while Pike [53, 112] suggested that nesting locations for Kemp's ridley and flatback turtles are likely to expand poleward. Likewise, leatherback turtles are expected to continue expanding their range into higher latitudes [54] . However, as turtle species expand their range in response to climate change, they could conceivably expand into areas that reduce hatching success due to anthropogenic disturbance and competition with other species [53] . In addition, exposure to new predators and parasites could potentially have deleterious effects on hatching success and survivorship [113, 114] .
Warmer temperatures may also facilitate the spread of non-native chelonians. Lever [115] described 18 chelonian species that have been introduced into new countries. Five species, including red-eared slider, European pond turtle (Emys orbicularis), angulate tortoise (Chersina angulata), eastern spur-thighed tortoise (Testudo graeca), and Herman's tortoise, have been introduced into areas substantially cooler than their native range. It is possible that a warming climate may facilitate reproduction and survivorship in these areas in the future. For example, red-eared sliders (Trachemys scripta) have been introduced to more than 30 countries across the globe [115] . In Italy, the most important variable explaining the presence of reproducing versus non-reproducing populations of this species were summer temperatures, with warmer summer temperatures linked to reproducing populations [21] . Due to climate change, areas expected to become suitable for this species are expected to increase [21] . In Europe, successful reproduction by red-eared sliders was initially reported to occur only in southern areas with Mediterranean climates, but locally-hatched offspring have now been documented in Serbia, Austria, Switzerland, Slovenia, and the Czech Republic [116] .
There are very few studies on how climate change might affect survivorship in chelonians. Because growth rates are related to temperature and precipitation, climate change can potentially result in reduced growth rates leading to reduced survivorship [43] . Elevated incubation temperatures can lead to developmental abnormalities or reduced embryo viability in turtles [117] [118] [119] . Excessively warm temperatures can also result in smaller hatchlings with impaired neuromuscular coordination and reduced locomotor performance [120, 121] . Elevated nest temperatures can also lead to increased feminization and, at extremely high temperatures, may result in lower levels of hatchling production [122] . However, at least one species, the flatback sea turtle, appears to be able to tolerate incubation temperatures of more than 5 • C relative to the control without experiencing an increase in developmental abnormalities or mortality [123] .
The nesting success of Hawksbill turtles in Brazil is expected to decline up to 11% by 2100 due to warmer and wetter conditions [124] . The number of leatherback turtles nesting on the northwest portion of Costa Rica is expected to decline by 7% per decade during the 21st century [125] . Changes in ocean conditions were expected to have only a small impact; instead, the primary driver of the decline was a projected 2.5 • C increase in the temperature of the nesting beach resulting in lower hatching success and reduced hatchling emergence rates [125] . Spatiotemporal variation in warming patterns means that there is a high risk of conditions becoming excessively warm in southeast Asia, a slight risk in the western Atlantic, and a low risk in the eastern Atlantic [126] .
From 1993 through to the end of 2015, the global mean sea level rose by approximately three mm per year, resulting in an increase of approximately 49 mm during this time period [127] . During the 21st century, sea level is projected to rise globally by 17 cm to 82 cm [87] . This predicted sea level rise will reduce the amount of suitable beach for nesting sea turtles, with one author suggesting that a 0.5 m increase may result in the loss of 32% of total beach area [128] . The sea level rise is also expected to negatively impact diamondback terrapins (Malaclemys terrapin) in Chesapeake Bay by inundating existing nesting sites and reducing the amount of habitat available for foraging [129] . Sea level rise is also predicted to lead to higher spring tides, which could potentially result in flooded nests, with some waterlogged nests exhibiting up to 100% mortality rates [130] , although some eggs may still hatch after occasional tidal inundation [131] .
An increase in the incidence and severity of extreme weather events is anticipated as a result of anthropogenic climate change (IPCC 2014). In particular, droughts will become more common in drylands, despite a projected increase in precipitation in some areas, as vegetation changes lead to increased interception of water by vegetation and litter [132] . Droughts have been linked with declines in survivorship, habitat losses, and changes in predation pressure [23, 78, 133] . In southeastern Asia, for example, conditions are expected to become drier in most countries, excluding the Philippines, which may lead to habitat loss for freshwater turtles [134] . However, there have been very few studies that investigated this, and further research is called for to investigate the effects of increasing drought frequency and severity on chelonians [61] . In other areas, extreme flooding events may increase in duration and frequency [87] , but little is known about how this may affect turtles. Extreme flooding events in a riverine habitat apparently do not affect survival, recruitment, or population growth rates in painted turtles [135] . However, reduced survivorship of the Chocoan river turtle (Rhinoclemmys nasuta) in Colombia is associated with extreme flooding events that may change the habitat characteristics and hydrology of streams [136] .
It is generally accepted that increasing temperatures will skew sex ratios of turtles with TSD [137, 138] with potentially catastrophic effects, particularly on the equatorial side of the range [119, 139] . However, there is disagreement over the severity of the consequences of this skew and whether chelonians will exhibit sufficient plasticity to cope. TSD could potentially be adaptive in the face of climate change, as warmer temperatures should lead to more balanced sex ratios at the edge of species' distributional limits that are currently restricted by cold temperatures (e.g., at the northern edge of the range in the northern hemisphere [140] ). It was proposed that some nesting grounds of green sea turtles near the Great Barrier reef will still produce male offspring even under the RCP 8.5 scenario [141] . There is also some evidence that male sea turtle mating patterns may buffer against feminization in a warming world, as male green turtles move between multiple rookeries and may have a shorter reproductive interval than females [142] . Nonetheless, there is broad agreement that increasing feminization is likely in this area [143] . While it appears likely that increasing feminization will occur in some areas and some species, it is unclear what the population-level effects of this developing sex ratio bias may be as species distributions shift.
It is possible that behavioral plasticity might mitigate the effects of climate change for some species [66] . Theoretically, turtles could exhibit plasticity with respect to nest-building behavior and phenology, and there is some evidence that chelonians exhibit such plasticity [144] . Some authors suggested that changes in phenology may offset predicted change in sex ratios [63] and there are suggestions that there is considerable phenotypic plasticity in nesting phenology [93] . However, others suggest that female chelonians may not be able to sufficiently advance the nesting date to avoid skewed sex ratios [119] . For example, although female turtles can adjust the depth of their nest, the cues that female painted turtles use to adjust nest depth do not necessarily predict future incubation conditions, therefore, it is unlikely that this species will be able to compensate for skewed TSD due to climate change [145] .
Relatively little work has been conducted to predict the effects of climate change on chelonian phenology. The relationship between the date of first nesting for loggerhead turtles and temperature exhibits a steeper gradient at higher latitudes, suggesting that phenological changes will be more pronounced at the poleward edges of a species range [146] . Warming soil temperatures could also conceivably affect emergence time, particularly of hatchlings that overwinter in the nest [61] . Warmer substrate temperatures may also improve incubation success for green turtles [147] , although this suggestion is contested, with some authors arguing that green turtles will need to spatiotemporally adjust reproductive strategies [148] .
Communities
The climate of the globe is changing, but it is not changing at a constant pace. Some areas are warming faster than others and air temperatures are rising faster than the temperature of the top ocean layer [87] . The median pace of warming since 1960 has been 0.24 • C per decade on land but only 0.07 • C per decade in the oceans [149] . Although distributional shifts are expected to proceed more rapidly on land than in the oceans, phenological shifts are anticipated to occur more rapidly in marine environments than in terrestrial ones due to more limited seasonal variation in temperatures [149] . Generally, species appear to be shifting poleward at approximately 17 km per decade, although there is considerable variation due to variation in the internal and external drivers that determine the distribution of a species [150] . Given the limited vagility of turtles, it seems likely that they will not be able to shift their range as rapidly as many other organisms [10] . However, not all species appear to be shifting their range in response to climate change. Mangroves, for example, show no evidence of expanding their range [151] , possibly because of extremes in environmental variability [152] . After the last ice age, vegetation appears to have responded relatively slowly [153] and plant communities may not be able to fully keep pace with environmental changes [154] . Forest inventory data in eastern North America suggests that tree species ranges are shifting poleward at only 50% of the spatial velocity of existing climate change [155] . The observed variation in rates of the distributional shift of vegetation in response to climate change may lead to a disequilibrium in communities and potential turtle habitat in the coming decades and centuries. It will be necessary to assess future habitat suitability for effective conservation planning and management [156] , but this assessment will need to take into account the potential lag between changing climatic conditions and vegetative communities.
Relatively few studies specifically investigated how community level changes due to anthropogenic climate change could affect chelonians. However, in Australia, high faunal turnover is expected in freshwater systems, with up to six turtle species disappearing from some areas [157] . Turtle species richness is expected to decline in the northern part of Murray-Darling Basin, Gulf of Carpentaria, and Northeast Coast drainage divisions, while turtle species richness is predicted to increase in the southeastern part of Murray-Darling Basin and the Northern Territory [157] .
Shifts in community composition will probably be most noticeable at the cold-edge portion of the range as species expand their range poleward, and at the warm-edge portions of the range as individuals disappear due to increasingly unfavorable climatic conditions and biotic interactions. Although there is some evidence that warm-edge limits are due to biotic factors such as competition [101] , the majority of studies found that abiotic factors were more important [158] . For example, in the eastern US, the distribution of Emydinae and Deirochelyinae does not appear to be due to competitive exclusion, but rather appears to be due to historical biogeography, which in turn is due to niche conservatism [159] .
For some species, the critical thermal maximum (CTM), the temperature at which the organism loses the ability to escape from conditions that will lead to mortality [160] , may determine the southern boundary of a range [159] , and turtles stressed by drought may have lower CTMs [133] . Consequently, changes in communities at the southern edge of the range may be driven not just by gradually warming temperatures, but also by an increase in heat waves and an increase in drought frequency and severity.
Research Priorities and Knowledge Gaps
Although species distribution models are useful in examining general distributional patterns, they tend to over-or underestimate the distribution of the organism in question. For example, an expert panel found that models describing the distribution of seventeen vertebrates of interest might be inaccurate due to difficulty in identifying rain shadows, inability to identify microrefugia (but see [161] ), insufficient data on upper temperature tolerance for many species, geographical barriers to dispersal, competitor species, disease, and difficulty in modeling distributions for species with very small ranges or with sparse locality data [162] . In addition, the choice of bioclimatic variables used as predictors can also influence model projections [163] . Consequently, the continued refinement of ecological niche models will be necessary in order to more accurately describe potential distributions of species. Additionally, an experimental approach to identify the proximate and ultimate mechanisms that define a species range would greatly aid in our understanding of current distributional patterns and how they may change under anthropogenic climate change.
As noted previously, there are relatively few studies on the effects of anthropogenic climate change on individuals. One promising avenue of investigation is to use biologging to examine individual responses to climate change, particularly with respect to thermal biology, phenology, and microhabitat selection [164] . For example, temperature and light loggers can be used to determine seasonal and annual patterns in activity, including hibernation onset, and termination [165] . Biologgers can also be used to explore thermal ecology and may be able to quantify physiological flexibility, as well as aid in documenting genetic variation in thermal tolerance [166] . Data loggers in combination with video cameras were used in turtles to explore feeding and behavioral interactions (e.g., [167] [168] [169] [170] ), as well as thermoregulatory performance and habitat selection (e.g., [171] ). Biologging chelonians can thus provide information on physiological and behavioral responses to environmental conditions, as well as investigating behavioral plasticity in response to environmental changes [172] .
Fisher's principle states that a 1:1 sex ratio should be an evolutionarily stable strategy [173] . Much of the existing research on the potential effects of climate change on chelonians has focused on how warming temperatures may skew sex ratios due to TSD, leading to increased feminization that could have catastrophic effects on populations [119, 139] . Progress is being made on determining the mechanism by which TSD occurs and how to accurately quantify it [174] . However, turtle sex ratios can be biased yet still persist on the landscape (e.g., [175, 176] ), and an increase in the proportion of females may, at least temporarily, lead to population growth [177] . However, protracted rainfall can result in lowered nest temperatures [178] ; there is still a great deal of uncertainty in how rainfall will change over tropical areas in the coming decades [179] . In addition, differing survivorship rates between the sexes may potentially counter-balance some of the effects of TSD. For example, road mortality may disproportionately affect female turtles, leading to an increase in the proportion of males in the population [180] .
Another avenue of research that should be explored is the effect of climate change on body size. Bergman's rule hypothesizes that the body size of large homeotherms should be negatively related to environmental temperature, with larger body sizes present in colder climes [181] . Although initially applied to endotherms, Bergmann's Rule has been widely studied in poikilotherms as well [182] . Several studies noted a link between body size in chelonians and latitude/temperature (e.g., [183] [184] [185] ). However, Bergmann's Rule does not apparently apply to all species or sexes [186] , and many species are exhibiting shrinking body sizes in response to climate change [187] . Although incubation temperatures can affect hatchling size and growth [46, 188, 189] , studies examining the effect of warmer temperatures on ultimate body size are lacking. One interesting avenue of research might be to investigate whether warming temperatures are leading to different ultimate body sizes in turtles, as body size can influence fecundity and survivorship [190] [191] [192] .
Another interesting avenue of research might be to explore whether the spatial and temporal incidences of cold-stunned sea turtles are changing, particularly in the northeastern US. Kemp's ridley turtles, for example, which are frequently picked up along beaches in the northeastern US after a sudden cold weather event in autumn causes water temperatures to drop precipitously [193] . Somewhat counterintuitively, although ocean temperatures in this region have been warming, cold-stun strandings have increased substantially since the 1970s [194] . Reducing adult mortality from by-catch or harvesting, alongside protecting nests of sea-faring chelonians, is widely regarded as the most important conservation action that can be taken to protect sea turtles [195] [196] [197] . However, the projected increase in cold-stun strandings in the northeastern US could potentially affect survivorship of this critically endangered species and thus is also of conservation concern.
As species expand their range, the population density at the poleward edge is likely to be low, thus leading to relatively low detectability. Environmental DNA may offer a way to determine the presence of freshwater chelonian species in novel locations. Recent environmental DNA (eDNA) techniques were developed to survey for aquatic species and offer the potential to easily and efficiently survey for the presence of species of interest. Environmental DNA is genetic material obtained directly from an environmental sample such as soil, sediment, or water, without any obvious biological source material [198] . Ficetola et al. [199] demonstrated that it was possible to detected aquatic vertebrates using environmental DNA from water samples, thus offering the potential to improve detection efficiency and reduce detection cost. This approach was used on a variety of organisms, including salamanders [200] , fish [201] , and frogs [202] , that permanently reside in the water. This technique was also recently adapted for use in freshwater turtles [203] and it may provide a more cost-effective and efficient method to determine whether introduced species are present [204] .
Finally, assessments of resilience and development of methods to mitigate the impacts should be investigated. Phenotypic plasticity and genetic variation could potentially buffer against some of the predicted deleterious effects of climate change, but there is a great deal of uncertainty about how effective this will be [205] . Much of the existing work on this was carried out on marine turtles. For example, the resilience of 58 marine turtle regional management units was investigated [206] . However, no comparable study has been conducted for the vast majority of non-marine chelonians. Despite this, some of the techniques proposed to help mitigate the effects of climate change on marine turtles could be applied to other species as well. The construction of sea walls, for example, could help protect some beaches [207] . Increasing the number of males in a population with TSD can be as simple as creating a simple artificial screen in order to reduce nest temperatures [208] . The use of palm leaves for shade, for example, was successful in reducing temperatures by 0.6 • C at a sea turtle rookery in St Eustatius, in the northeastern Caribbean [209] . Watering nests was also suggested as a method to reduce nest temperatures, although the effects are believed to be most beneficial in dry areas with low rainfall [210] . Assisted migration and genetic supplementation were also suggested as possible solutions, but as yet there appear to be no published studies on this topic among chelonians [211] . Likewise, guidelines on when to engage in management intervention are still being discussed [212, 213] .
Conclusions
Anthropogenic climate change will have a pronounced effect on the individual, population, and community ecology of turtles. Although chelonians have withstood previous climatic changes [211] , the forecasted rate of change is considerably more rapid than any changes in at least the last 65 million years [214] . Consequently, organisms may not be able to adapt to climate change if the rate of change is too rapid and the demography is not sufficiently dynamic [215] . Since chelonians in general exhibit long generation times with generally high adult survivorship coupled with high juvenile mortality and limited vagility, they are ill-suited to respond rapidly to climate change. Although turtles possess a variety of behavioral and physiological mechanisms to cope with suboptimal conditions, the unparalleled rate of change is likely to result in local to widespread extirpation, although a few species may benefit. Further research on enhancing resilience and developing methods to mitigate the effects of climate change will be necessary to ensure that widespread losses do not occur.
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